
INTRODUCTION

Coccolithophores constitute a significant component of the
marine phytoplankton in modern oceans and are very sensi-
tive to the changing environmental conditions of the upper
water column. In particular, through photosynthesis and cal-
cification they play an important role in the biogeochemical
cycles and the global climate system (WESTBROEK et al.,
1993; HAIDAR & THEIRSTEIN, 2001; ROST & RIEBESELL,
2004).

Coccolithophores have a world-wide distribution in the
oceans’ photic zone, but prefer warm, low productivity re-
gions (MCINTYRE & BE, 1967; HONJO & OKADA, 1974;
CORTÉS et al., 2001). Therefore, they are among the domi-
nant primary producers in the oligotrophic eastern Mediter-
ranean Sea. The living coccolithophores in the Mediterranean
Sea waters present a high number of species (e.g. KNAPPER-
STBUSCH, 1990; KLEIJNE, 1991, 1992, 1993; ZIVERI et al.,
2000; CROS et al., 2000; CROS & FORTUÑO, 2002; SAUGES-
TAD & HEIMDAL, 2002; TRIANTAPHYLLOU et al., 2002; 2004a;
2004b; TRIANTAPHYLLOU & DIMIZA, 2003; MALINVERNO et
al., 2003, 2009; BALESTRA et al., 2008; DIMIZA et al., 2008)

with a strong seasonal variability and regional patchiness. In
a trans-Mediterranean study conducted in June 1999, coc-
colithophores were more abundant and diversified at the east-
ern stations than at the western ones (IGNATIADES et al.,
2009). The widespread species Emiliania huxleyi is gener-
ally the most frequent and dominant within this group. The
oligotrophic character of the Mediterranean Sea, as well as
the high seasonality in sea surface temperatures, solar radia-
tion, nutrient concentrations and in the circulation of surface
water masses affect the assemblage composition, diversity
and productivity of living coccolithophores. Therefore, it is
important to understand the response of coccolithophores to
different oceanographic settings within the Mediterranean
marine ecosystem.

The main objective of this study is to determine the cell
density and species composition of modern coccolithophore
communities in surface waters over the western Cretan Straits
(South Aegean Sea, Eastern Mediterranean) during late win-
ter 2008. Diversity indices (species richness, Shannon-
Wiener and Dominance) and graphical examination of the
contour maps of total standing crop and abundances of the
most common coccolithophore species were used in order to
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ABSTRACT: Living coccolithophores were collected in February 2008, in surface waters from seven stations over the western Cretan Straits (South
Aegean Sea, Eastern Mediterranean). The coccolithophore distribution was quantitatively documented through Scanning Electron Microscopy in
terms of density, diversity and community structure. In the study period, the most abundant species was Emiliania huxleyi, followed by Rhabdosphaera
clavigera and Syracosphaera pulchra, while additional important component of the winter assemblages were Helicosphaera carteri, Algirosphaera
robusta and Syracosphaera molischii. The studied coccolithophore communities indicate a close relationship between coccosphere densities and sur-
face water circulation, with the surface temperature gradient affecting species composition.
Key-words: living coccolithophores, spatial distribution, Cretan Sea.

ΠΕΡΙΛΗΨΗ: H δειγµατοληψία των σύγχρονων κοκκολιθοφόρων πραγµατοποιήθηκε το Φεβρουάριο του 2008, σε επτά καθορισµένους σταθµούς
στην περιοχή των δυτικών στενών της Κρητικής λεκάνης (Νότιο Αιγαίο πέλαγος, Ανατολική Μεσόγειος). Για τη µελέτη της κατανοµής των κοκκο-
λιθοφόρων εξετάστηκαν οι παράµετροι της περιεκτικότητας, της ποικιλότητας, της αφθονίας στη δοµή της βιοκοινωνίας των κοκκολιθοφόρων. Κατά
την περίοδο µελέτης, το είδος Emiliania huxleyi επικρατεί στις συγκεντρώσεις, ακολουθούν σε αφθονία τα είδη Rhabdosphaera clavigera και Syra-
cosphaera pulchra, ενώ σηµαντική συµµετοχή στις συναθροίσεις παρουσιάζουν τα είδη Helicosphaera carteri, Algirosphaera robusta και Syra-
cosphaera molischii. Η µελέτη της βιοκοινωνίας κατέδειξε ότι, η κυκλοφορία των επιφανειακών υδάτινων µαζών επιδρά στις περιεκτικότητες των
κοκκολιθοφόρων, ενώ η σύνθεση των ειδών επηρεάζεται από τη διακύµανση των επιφανειακών θαλάσσιων θερµοκρασιών.
Λέξεις-κλειδιά: σύγχρονα κοκκολιθόφορα, οριζόντια χωρική κατανοµή, Κρητική λεκάνη.

* Κατανοµή των κοκκολιθοφόρων (ασβεστολιθικό ναννοπλαγκτόν) στα επιφανειακά ύδατα της περιοχής των δυτικών στενών της Κρητικής λεκάνης (Νότιο
Αιγαίο πέλαγος): συσχετισµός της παραγωγικότητας µε την κυκλοφορία των επιφανειακών υδάτινων µαζών
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interpret the spatial distribution pattern and to infer the ecol-
ogy of living communities.

ENVIRONMENTAL SETTING

The Cretan Sea is an active area, which plays a significant
role in the circulation of the Eastern Mediterranean. It is not
only the southernmost basin of the Aegean Sea but the largest
in volume and the deepest one (THEOCHARIS et al., 1999;
GEORGOPOULOS et al., 2000; VELAORAS & LASCARATOS,
2005), representing a reservoir for heat, salt and dissolved
oxygen for the Eastern Mediterranean (GEORGOPOULOS et al.,
1989). It communicates with the Levantine Basin and the
Ionian Sea through the eastern and the western Cretan Straits,
respectively. The western Cretan Straits consist of An-
tikithira, Kithira and Elaphonissos straits which play an im-
portant role in the control of the exchanges of water and
material (dissolved, suspended or near-bed) between the
Aegean and the Ionian seas (Fig. 1).

The hydrological structure in the region is dominated by
a complex and highly variable circulation pattern (Fig. 1),
because of the interactions between the Myrtoan West Cretan
cyclone, the West Cretan anticyclone and the anticyclonic
Pelops Gyre (THEOCHARIS et al., 1999), which are considered
to control particle distribution and transfer in the area (KARA-
GEORGIS et al., 2008). The water column is characterised by
a persistent thermocline that induces strong stratification dur-
ing most of the year and by intense mixing during the winter
period.

Surface water circulation is dominated by low-salinity

Modified Atlantic Waters (MAW), which intrudes into the
Cretan Sea mainly through the Antikithira Strait and occa-
sionally via the Kassos Strait, as well as by Black Sea origin
Waters (BSW) which are occasionally detectable down to the
Kitherian Straits (THEOCHARIS et al., 1999). In the interme-
diate layers, a distinctive “nutrient rich-oxygen poor” layer
with minimum salinity is formed by the intrusion of the Tran-
sitional Mediterranean Water (TMW), coming from mid-
depths of the eastern Mediterranean through the Kassos and
the Antikithira straits (BALOPOULOS et al., 1999; LYKOUSIS et
al., 2002) compensating for the massive Cretan Deep Water
(CDW) outflow (SOUVERMEZOGLOU et al., 1999). However
the physicochemical characteristics of TMW have changed
with time and an overall decrease of the volume and transport
of CDW has been observed (KONTOYIANNIS et al., 2005).

The southern Aegean Sea waters are typically olig-
otrophic (LYKOUSIS et al., 2002), poorer in nutrients and
richer in oxygen than the adjacent Ionian and Levantine seas
(SOUVERMEZOGLOU et al., 1999). The observed oligotrophy in
the area, in terms of both primary productivity and chloro-
phyll-a concentrations, is related to an eastward increase of
phosphorus limitation resulting in an increase of the N/P ratio
(KROM et al., 1991, 1992; TSELEPIDES et al., 2000). The phy-
toplankton population of the modern eastern Mediterranean
is dominated by flagellates including coccolithophores (KLEI-
JNE, 1991; KNAPPERTSBUSCH, 1993; ZIVERI et al., 2000; MA-
LINVERNO et al., 2003; TRIANTAPHYLLOU et al., 2004;
IGNATIADES et al., 2009).
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Fig. 1a. Map of the study area and b. location of the stations sampled for coccolithophore analysis with the main circulation features (according
THEOCHARIS et al., 1999).
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Fig. 2. Contour maps of environmental parameters (A-D), total standing crop (E), diversity indices (F-H) and abundances of the most common species
(I-O).
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MATERIAL AND METHODS

Water samples for coccolithophore analysis were collected
on 27-29 February 2008 in surface waters from seven sta-
tions (Fig. 1, Table 1) over the western Cretan Straits (South
Aegean Sea, Eastern Mediterranean). Relevant temperature,
salinity, pH and chlorophyll data are presented in Table 1.
For each sampling station, 2 liters of seawater were filtered
on Whatman cellulose nitrate filters (47mm diameter, 0.45µm
pore size), using a vacuum filtration system. Salt was re-
moved by washing the filters with about 2 ml of mineral
water. The filters were open dried and stored in plastic Petri
dishes. A piece of each filter approximately 8x8 mm2 was at-
tached to a copper electron microscope stub using a double-
sided adhesive tape and coated with gold. The filters were
examined in a Jeol JSM 6360 Scanning Electron Microscope
(University of Athens, Department of Historical Geology and
Paleontology) and all the individual coccospheres occurring
on the examined filter area were identified and counted. A
working magnification of 1200x was used throughout the
counting. The absolute abundances of coccolithophore den-
sities (number of coccospheres/liter) was calculated follow-
ing the methodology of JORDAN & WINTER (2000), by scaling
up the raw counts from a known scanned area, using the
equation: A=NxS/V, where N is the number of coccospheres
of a species on the whole piece of filter, S the scaling factor
(area of the whole filter/area of scanned filter piece), V the
volume of the sea water filtered (l) and A the absolute abun-
dance of the species in coccospheres/l.

Diversity indices were calculated using the Past.exe 1.23
software package (HAMMER et al., 2001), including species
richness (S), Dominance (D) and Shannon–Wiener diversity
index (Η΄). Spatial distribution of environmental parameters,
total standing crop, diversity indices and abundances of the
most common species have been visualised by constructing
contour maps in Surfer (version 8.0) using inverse distance to
power gridding method (triangulation with linear interpolation).

RESULTS

Hydrography

The surface water along the transect showed a sea surface

temperature interval from 15.15 °C to 16.22 °C and a salin-
ity interval from 38.56 psu to 38.93 psu (Table 1). The aver-
age pH was near 8.10 and the average chlorophyll-a
concentration was 0.23 µg l-1.

The spatial distribution of the environmental parameters
is presented in Figs 2A-D. Temperature increased towards
the North, where the highest surface value (16.22 °C; Table
1) was found at the NW edge of the study area (Stn M19494)
close to the Peloponnesus coasts. Surface salinity showed an
opposite pattern with the lowest values occurring in the
southeastern part of the sampling area. The pH values in-
creased towards the East, while chlorophyll-a concentrations
were quite variable (0.17–0.30), with a slight increase in the
Kithira Strait area.

Coccolithophore community structure and species com-
position

The total coccosphere density in the study area varied be-
tween 9.8-91.7x103 cells/l (Stn M3786 and M1949, respec-
tively) (Table 1). The highest densities were displayed at
stations M20296, M2778, M1949 and M940, which are prob-
ably found at the periphery of the Myrtoan cyclone, whereas
the lowest values were recovered at Stn M3786, likely cor-
responding to the central part of the gyre.

The coccolithophore community consisted of 26 hetero-
coccolithophore and 4 holococcolithophore species. Overall,
the highest species richness (16 taxa) was observed at Stn
M1949 and the lowest (9 taxa) at Stn M20296. In Fig. 2F,
species richness gradually increased towards the south, keep-
ing pace with the temperature decline.

Coccosphere densities of species recorded in the study
area are presented in Table 2. Emiliania huxleyi was the dom-
inant species always accounting for more than 85% of the as-
semblage (Fig. 2I). Other important taxa like the
Rhabdosphaeraceae (mainly Rhabdosphaera clavigera, Dis-
cosphaera tubifera and Algirosphaera robusta) and different
species of Syracosphaera (mostly S. pulchra and S. molis-
chii) were scarce at all stations, with relative abundance val-
ues lower than 10%. R. clavigera and S. pulchra were
umbiquitous and exhibited more or less similar distribution
patterns as Discosphaera tubifera (Figs 4J-L), with maxi-
mum abundance in the northern part of the sampling area.
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TABLE 1
Location of stations, sampling dates, coccolithophore absolute abundances (cells/l), chlorophyll-a, pH, water temperature and salinity data.
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The distribution pattern of Helicosphaera carteri (Fig. 4M)
was somewhat different, with a tendency to higher values in
the western part of the sampling area. In contrast, A. robusta
and S. molischii (Figs 4N-O) gradually increased in abun-
dance towards the South, along with the increase in E. hux-
leyi coccosphere density. Finally, other species such as
Umbilicosphaera sibogae, Calcidiscus quadriperforatus and
Coronosphaera mediterranea also occurred throughout the
sampling area (Table 2), but were generally less than 1 % of
the total assemblages.

The dominance index values ranged from 0.75 (Stn
M3786) to 0.96 (Stns M940 and M442), while low Shannon
diversity values (max=0.63 at Stn M3786) were documented.
Contour maps, in Figs 2G-H, display the spatial distribution
of diversity indices. The highest values of the dominance
index are followed by low Shannon diversity and coincide
with increasing cell densities.

DISCUSSION

The winter coccolithophore assemblages in the vicinity of
the western Cretan Straits (South Aegean Sea, Eastern
Mediterranean) are characterized by high coccosphere den-
sities and high dominance values (associated with low values
of Shannon diversity). These features indicate rather eu-
trophic conditions (MARGALEF, 1978). In late winter, the con-
vective mixing processes are intensified, resulting in the
replenishment of the euphotic zone with nutrients transferred
from deeper waters (TSELEPIDES et al., 2000). The doming of
isopycnals within the Myrtoan West Cretan cyclone has pos-
sibly increased the vertical transport of nutrients at the time
of the winter convective event and has created favorable con-
ditions for primary production. The availability of nutrients
can be very important for the increase in abundance of op-
portunistic (r-selected) species, such as E. huxleyi, a species
well known for its quick response to nutrient enrichment
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TABLE 2
Coccolithophore species (cells/l) recorded at western Cretan Straits during February 2008 sampling.
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(e.g., HULBURT, 1982, 1985; BROERSE et al., 2000; TYRRELL
& MERICO, 2004). Our results confirm the findings of MAL-
INVERNO et al. (2009), who studied, through sediment trap
deployments, the seasonal and spatial variability of coccol-
ithophore export production at the South-Western margin of
Crete from 2005 to 2006. They showed that E. huxleyi pre-
vails in the period of maximum coccosphere export during
the water column mixing phase, which also coincides with
the interval of increased rainfall in the late winter–spring.

In the present study, a close relationship between the dis-
tribution of the coccolithophore species and the pattern of
surface water circulation was detected. A general increase in
total coccosphere density is observed, following the direc-
tion of surface water masses that move towards the Kitherian
Straits. Although we lack a comprehensive dataset on the
size, position and strength of the mesoscale circulation fea-
tures during the present study, our findings imply the influ-

ence of the Myrtoan West Cretan Gyre on the coccol-
ithophore assemblages. The abundance and distribution of
marine phytoplankton is primarily controlled by factors af-
fecting their growth (nutrient availability, radiant energy) and
dispersal (water stability, currents). The violent vertical mix-
ing in correspondence to the Myrtoan cyclone causes the up-
welling of nutrient-rich deep waters which subsequently flow
horizontally at the surface towards the outer margin of the
gyre. This nutrient supply most probably promoted the
growth of phytoplankton and its accumulation in the upper
layer at the periphery of the cyclonic structure. Oceano-
graphic surveys made during the ’90s have shown that the
southern edge of the Myrtoan West Cretan cyclone reaches
the western Cretan straits (THEOCHARIS et al., 1999; KON-
TOYIANNIS et al., 2005). Relatively lower chlorophyll-a con-
centration and total cell density are apparently recorded in
the center of the Myrtoan West Cretan Gyre (Stn M3786). It
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PLATE I
1. Emiliania huxleyi, station 940, 2. Rhabdosphaera clavigera, station 940, 3. Discosphaera tubifera, station 2278,

4. Algirosphaera robusta, station 2278, 5. Syracosphaera pulchra, station 20296, 6. Syracosphaera molischii, station 2278,
7. Helicosphaera carteri, station 2278, 8. Umbilicoshaera sibogae, station 1949, 9. Calcidiscus quadriperforatus, station 20296.
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seems that the strong convective mixing in the core of the
Gyre establishes an unstable and extremely dynamic envi-
ronment that disorganizes the phytoplanktonic communities
and highly limits the build-up and accumulation of phyto-
planktonic biomass.

In the area close to the southeastern Peloponnesus coasts
that is characterized by slightly higher temperature, coccol-
ithophore concentrations displayed the lowest values. The
high values of Shannon index reflect a considerable increase
of species concentration. Therefore, although the assem-
blages are still dominated by E. huxleyi, other important taxa
such as R. clavigera, S. pulchra and D. tubifera are relatively
well represented there. These species are less opportunistic
and are considered as indicative of intermediate environ-
ments with intermediate nutrient conditions (YOUNG, 1994;
TRIANTAPHYLLOU et al., 2002; DIMIZA et al., 2008). In the wa-
ters of the Eastern Mediterranean, they are commonly con-
centrated during the warm season (KNAPPERTSBUSCH, 1993;
ZIVERI et al., 2000; TRIANTAPHYLLOU et al., 2002, 2004b;
MALINVERNO et al., 2003; BALESTRA et al., 2008; DIMIZA et
al., 2008). Another species that is known for its preference
for warm waters (MCINTYRE & BÉ, 1967; GARD & BACKMAN,
1990; BRAND, 1994; BAUMANN et al., 2005), but moderately
elevated nutrient conditions (ZIVERI et al., 1995; ZIVERI et
al., 2000; FINDLAY & GIRAUDEAU, 2000; ANDRULEIT & RO-
GALLA, 2002; ZIVERI et al., 2004) is H. carteri. In the present
dataset, this species is slightly more abundant in the western
area.

In contrast, the communities showing the higher densi-
ties are located near the northwestern coasts of Crete, where
temperatures are ~1oC lower. In these communities, the high
species richness is coupled with low diversity and high dom-
inance: this implies that the higher number of species in these
samples represents only a small part of the assemblages while
E. huxleyi contributes the largest portion of the high coccos-
phere counts. According to the species distribution, the pres-
ence of S. molischii and A. robusta is associated with higher
abundances of E. huxleyi. S. molischii is well known for its
preference for relatively eutrophic environments (GI-
RAUDEAU, 1992; ANDRULEIT & ROGALLA, 2002; DIMIZA et al.,
2008), while A. robusta displays a flexible response to nutri-
ent availability, even at shallow depths (JORDAN & WINTER,
2000; ANDRULEIT & ROGALLA, 2002; MALINVERNO et al.,
2003, 2009).

CONCLUSIONS

Total coccolithophore densities in the marine ecosystems of
the western Cretan Straits (North Aegean Sea) during late
winter 2008 varied between 9.8x103 and 91.7x103 coccos-
pheres/l. In total, 30 different coccolithophore species are rec-
ognized, of which E. huxleyi represents more than 85 %. The
present study shows that coccolithophore communities are
affected by surface water circulation, and their peak concen-
tration occurred at the outer margin of the Myrtoan cyclone
in the proximity of the Kitherian Straits. In most samples, the

coccolithophore community is characterized by high total
standing crop and dominance values, whereas Shannon di-
versity is low. However, the Shannon–Wiener index rises
gradually in the area close to the southeastern Peloponnesus
coasts, due to the increase of less opportunistic species such
as R. clavigera, S. pulchra and D. tubifera that suggests a
trend to warmer and intermediate environments with normal
nutrient conditions. In contrast, the dominance index exhibits
an opposite pattern, following the increase in E. huxleyi and
the occurrence of other eutrophic species such as A. robusta
and S. molischii.

ACKNOWLEDGMENTS

This work was funded through the program MedEcos: Decadal scale
variability of the Mediterranean Ecosystem, EraNet, MarinERA,
European marine RTD programme.

The material studied for coccolithophore analysis has been pro-
vided within POSEIDON Project. Special thanks are due to Dr.
Eliza Malinverno for providing constructive criticism on the man-
uscript.

REFERENCES

ANDRULEIT, H. & U. ROGALLA (2002). Coccolithophores in sur-
face sediments of the Arabian Sea in relation to environmental
gradients in surface waters. Marine Geology, 186, 505-526.

BALESTRA, B., MARINO, M., MONECHI, S., MARANO, C. & F.
LOCAIONO (2008). Coccolithophore communities in the Gulf
of Manfredonia (Southern Adriatic Sea): data from water and sur-
face sediments. Micropaleontology, 54(5), 377-396.

BALOPOULOS, E., THEOCHARIS, A., KONTOYIANNIS, H., VAR-
NAVAS, S., VOUTSINOU-TALIADOURI, F., IONA, A., SOU-
VERMEZOGLOU, A., IGNADIADES, L., GOTSIS-SCRETAS,
O. & A. PAVLIDOU (1999). Major advances in the oceanogra-
phy of the southern Aegean Sea–Cretan Straits system (eastern
Mediterranean). Progress in Oceanography, 44, 109– 130.

BAUMANN, K-H., ANDRULEIT, H.A., BÖCKEL, B., GEISEN, M. &
H. KINKEL (2005). The significance of extant coccolithophores
as indicators of ocean water masses, surface water temperature,
and paleoproductivity: a review. Palaeontologische Zeitschrift,
79(1), 93-112.

BRAND, L.E. (1994). Physiological ecology of marine coccol-
ithophores. In: WINTER A. & W.G. SIESSER (Eds), Coccol-
ithophores. Cambridge University Press, 39-49 pp.

BROERSE, A.T.C., BRUMMER, G.-J.A. & J.E. VAN HINTE (2000).
Coccolithophore export production in response to monsoonal up-
welling off Somalia (Northwestern Indian Ocean). Deep-Sea Re-
search II, 47: 2179-2205.

CORTÉS, M.Y., BOLLMANN, J. & H.R. THIERSTEIN (2001). Coc-
colithophore ecology at the HOT station ALOHA, Hawaii. Deep-
Sea Research Part II: Topical Studies in Oceanography, 48 (8-9),
1957-1981.

CROS, L. & J.-M. FORTUÑO (2002). Atlas of Northwestern Mediter-
ranean Coccolithophores. Scientia Marina, 66 (supplement 1),
186 pp.

CROS, L., KLEIJNE, A., ZELTNER, A., BILLARD, C. & J.R.
YOUNG (2000). New examples of holococcolith-heterococcol-
ith combination coccospheres and their implications for coccol-
ithophorid biology. Marine Micropaleontology, 39, 1-34.

DIMIZA, M.D., TRIANTAPHYLLOU, M.V. & M.D. DERMITZAKIS
(2008). Seasonality and ecology of living coccolithophores in E.

Hellenic Journal of Geosciences, vol. 45, 55-64 61

Project 23 D:17 2/14/11  7:04 PM  Page 61



Mediterranean coastal environments (Andros Island, Middle
Aegean Sea). Micropaleontology, 54, 159-175.

FINDLAY, C.S. & J. GIRAUDEAU (2000). Extant calcareous nanno-
plankton in the Australian Sector of the Southern Ocean (austral
summers 1994 and 1995). Marine Micropaleontology, 40, 417-
439.

GARD, G. & J. BACKMAN (1990). Synthesis of Arctic and sub-Arc-
tic coccolith iochronology and history of North Atlantic drift water
influx during the last 500 000 years. Geological history of the
polar oceans: Arctic versus Antarctic, 417-436 pp.

GEORGOPOULOS, D., CHRONIS, G., ZERVAKIS, V., LYKOUSIS,
V., POULOS, S. & A. IONA (2000). Hydrology and circulation in
the Southern Cretan Sea during the CINCS experiment (May
1994–September 1995). Progress in Oceanography, 46, 89–112.

GEORGOPOULOS, D., THEOCHARIS, A. & G. ZODIATIS (1989).
Intermediate water formation in the Cretan Sea (South Aegean
Sea). Oceanologica Acta, 12, 353–359.

GIRAUDEAU, J. (1992). Distribution of resent nannofossils beneath
the Benguela System: southwest African continental margin. Ma-
rine Geology, 108, 219-237.

HAIDAR, A.T. & H.R. THIERSTEIN (2001). Coccolithophore dy-
namics off Bermuda (N. Atlantic). Deep-Sea Research II, 48,
1925-1956.

HAMMER, Ø., HARPER, D.A.T. & P.D. RYAN (2001). PAST: Pale-
ontological Statistics Software Package for Education and Data
Analysis. Palaeontologia Electronica, 4 (1), 9 pp. http://palaeo-
electronica.org/2001_1/past/issue1_01.htm.

HONJO, S. & H. OKADA (1974). Community structure of coccol-
ithophores in the photic layer of the mid-Pacific. Micropaleon-
tology, 20, 209-230.

HULBURT, E.M. (1982). The adaptation of marine phytoplankton
species to nutrient and temperature. Ocean Science and Engi-
neering, 7, 187-228.

HULBURT, E.M. (1985). Adaptation and niche breadth of phytoplank-
ton species along a nutrient graqdient in the ocean. Journal of
Plankton Research, 7, 581-594.

IGNATIADES, L., GOTSIS-SKRETAS, O., PAGOU, K. & E.
KRASAKOPOULOU (2009). Diversification of phytoplankton
community structure and related parameters along a large-scale
longitudinal east–west transect of the Mediterranean Sea. Jour-
nal of Plankton Research, 31, 411-428.

JORDAN, R.W. & A. WINTER (2000). Living microplankton assem-
blages off the coast of Puerto Rico during January-May 1995. Ma-
rine Micropaleontology, 39, 113-130.

KARAGEORGIS, A.P., GARDNER, W.D., GEORGOPOULOS, D.,
MISHONOV, A.V., KRASAKOPOULOU, E. & Ch.ANAG-
NOSTOU (2008). Particle dynamics in the Eastern Mediterranean
Sea: A synthesis based on light transmission, PMC and POC
archives (1991-2001). Deep Sea Research I, 55,177-202.

KLEIJNE, A. (1991). Holococcolithophorids from the Indian Ocean,
Red Sea, Mediterranean Sea and North Atlantic Ocean. Marine
Micropaleontology, 17, 1-76.

KLEIJNE, A. (1992). Extant Rhabdosphaeraceae (coccolithophorids,
class Prymnesiophyceae) from the Indian Ocean, Red Sea,
Mediterranean Sea and North Atlantic Ocean. Scripta Geologica,
100, 1-63.

KLEIJNE, A. (1993). Morphology, Taxonomy and Distribution of Ex-
tant Coccolithophorids (Calcareous Nannoplankton). Vrije Uni-
versiteit, 321 pp.

KNAPPERTSBUSCH, M.W. (1990). Geographic distribution of mod-
ern coccolithophores in the Mediterranean Sea and morphological
evolution of Calcidiscus leptoporus. Unpub. PhD dissertation,
Swiss Federal Inst. of Tech., Zurich ETH, Nr. 9169.

KNAPPERTSBUSCH, M.W. (1993). Syracosphaera noroiticus n. sp.
and S. marginaporata n. sp., two new living coccolithophorids of
the genus Syracosphaera (Lohmann) Gaarder. Journal of Mi-

cropalaeontology, 12, 71-76.
KONTOYIANNIS, H., BALOPOULOS, E., GOTSIS-SKRETAS, O.,

PAVLIDOU, A., ASSIMAKOPOULOU, G., & E. PAPAGEOR-
GIOU (2005). The hydrology and biochemistry of the Cretan
Straits (Antikithira and Kassos Straits) revisited in the period June
1997–May 1998. Journal of Marine Systems, 53, 37– 57

KROM, M.D., BRENNER, S., ISRAILOV, L. & B.S. KRUMGALZ
(1991). Dissolved nutrients, preformed nutrients and calculated
elemental ratios in the Eastern Mediterranean sea. Oceanologica
Acta, 14, 189-194.

KROM, M.D., BRENNER, N.K., NEORI, A. & L.I. GORDON (1992).
Nutrient dynamics and new production in a warm-core eddy from
the Eastern Mediterranean Sea. Deep-Sea Research, 39, 467-480.

LYKOUSIS, V., CHRONIS, G., TSELEPIDES, A., PRICE, N.B.,
THEOCHARIS, A., SIOKOU-FRAGOU, I., WAMBEKE,
F.VAN, DANOVARO, R., STAVRAKAKIS, S., DUINEVELD,
G., GEORGOPOULOS, D., IGNATIADES L., SOUVERME-
ZOGLOU, A. & F. VOUTSINOU-TALIADOURI (2002). Major
outputs of the recent multidisciplinary biogeochemical researches
undertaken in the Aegean Sea. Journal of Marine Systems, 33-34,
313-334.

MALINVERNO, E., TRIANTAPHYLLOU, M.V., STAVRAKAKIS,
S., ZIVERI, P. & V. LYKOUSIS (2009). Seasonal and spatial vari-
ability of coccolithophore export production at the South-West-
ern margin of Crete (Eastern Mediterranean). Marine
Micropaleontology, 71, 131–147.

MALINVERNO, E., ZIVERI, P. & C. CORSELLI (2003). Coccol-
ithophorid distribution in the Ionian Sea and its relationship to
eastern Mediterranean circulation during late fall to early winter
1997. Journal of Geophysical Research, 108 (C9), No. C9, 8115,
doi:10.1029/2002JC001346.

MARGALEF, R. (1978). Life forms of phytoplankton as survival al-
ternatives in an unstable environment. Oceanologica Acta, 1, 493-
509.

MCINTYRE, A. & A.W.H. BÉ (1967). Modern coccolithophores of the
Atlantic Ocean –I. Placolith and cyrtoliths. Deep-Sea Research,
14, 561-597.

ROST, B. & U. RIEBESELL (2004). Coccolithophore calcification and
the biological pump: response to environmental changes. In:
THIERSTEIN H.R. & J.R. YOUNG (Eds), Coccolithophores.
From Molecular Processes to Global Impact, Springer, 99-126
pp.

SAUGESTAD, A.H. & B.R. HEIMDAL (2002). Light microscope stud-
ies on coccolithophorids from the western Mediterranean Sea,
with notes on combination cells of Daktylethra pirus and Syra-
cosphaera pulchra. Plant Biosystems, 136, 3-28.

SOUVERMEZOGLOU, E., KRASAKOPOULOU, E. & A. PAVLI-
DOU (1999). Temporal variability in oxygen and nutrient con-
centrations in the southern Aegean Sea and the Straits of the
Cretan Arc. Progress in Oceanography, 44, 573–600.

THEOCHARIS, A., BALOPOULOS, E., KIOROGLOU, S., KON-
TOYIANNIS, H. & A. IONA (1999). A synthesis of the circula-
tion and hydrography of the South Aegean Sea and the Straits of
the Cretan Arc (March 1994–January 1995). Progress in
Oceanography, 44, 469–509.

TRIANTAPHYLLOU, M.V., DERMITZAKIS, M.D. & M.D. DIMIZA
(2002). Holo- and heterococcolithophorids (calcarereous nanno-
plankton) in the gulf of Korthi (Andros island, Aegean Sea,
Greece) during late summer 2001. Revue de Paleobiologie, 21(1),
353-369.

TRIANTAPHYLLOU, M.V. & M.D. DIMIZA (2003). Verification of
the Algirosphaera robusta-Sphaerocalyptra quadridentata (coc-
colithophores) life-cycle association. Journal of Micropaleontol-
ogy, 22, 107-111.

TRIANTAPHYLLOU, M.V., DIMIZA, M.D & M.D. DERMITZAKIS
(2004a). Syracosphaera halldalii and Calyptrolithina divergens

Margarita D. Dimiza, Maria V. Triantaphyllou & Eva Krasakopoulou62

Project 23 D:17 2/14/11  7:04 PM  Page 62



var. tuberosa life-cycle association and relevant taxonomic re-
marks. In: TRIANTAPHYLLOU M.V. (Ed.), Advances in the bi-
ology, ecology and taphonomy of extant calcareous
nannoplankton. Micropaleontology, 50, supplement 1, 121-126 pp.

TRIANTAPHYLLOU, M.V., ZIVERI, P. & A. TSELEPIDES (2004b).
Coccolithophore export production and response to seasonal sur-
face water variability in the oligotrophic Cretan Sea (ΝΕ Mediter-
ranean). Micropaleontology, 50, 127-144.

TSELEPIDES, A., ZERVAKIS, V., POLYCHRONAKI, T., DON-
AVARO, R. & G. CHRONIS (2000). Distribution of nutrients and
particulate organic matter in relation to the prevailing hydro-
graphic features of the Cretan Sea (NE Mediterranean). Progress
in Oceanography, 46, 113–142.

TYRRELL, T. & A. MERICO (2004). Emiliania huxleyi: Bloom ob-
servations and the conditions that induce them. In: THIERSTEIN
H.R. & J.R. YOUNG (Eds), Coccolithophores—from molecular
processes to global impact, 75–97 pp., Springer.

VELAORAS, D. & A. LASCARATOS (2005). Deep water mass char-
acteristics and interannual variability in the North and Central
Aegean Sea. Journal of Marine Systems, 53(1-4), 59-85

WESTBROEK, P., BROWN, C.W., BLEIJSWIJKBROWNLEE, J.
VAN C., BRUMMER, G.J., CONTE, M., EGGE, J., FARNAN-
DEZ, E., JORDAN R., KNAPPERTSBUSCH, M., STEFELS, J.,
VELDHUIS, M., VAN DER WAL P. & J. YOUNG (1993). A
model system approach to biological climate forcing: the exam-
ple of Emiliania huxleyi. Global and Planetary Change, 8, 27-46.

YOUNG, J.R. (1994). Functions of coccoliths. In: WINTER A. & W.G.
SIESSER (Eds), Coccolithophores, 13-27 pp., Cambridge Uni-
versity Press.

ZIVERI, P., BAUMANN, K.-H., BOCKEL, B., BOLLMANN, J. &
J.R. YOUNG (2004). Biogeography of selected Holocene coc-
coliths in the Atlantic Ocean. In: THIERSTEIN, H.R. & J.R.
YOUNG (Eds), Coccolithophores—From Molecular Processes to
Global Impact, Springer, Berlin, 403–428 pp.

ZIVERI, P., BROERSE, A.T.C., HINTE, J.E. VAN, WESTBROEK, P.
& S. HONJO (2000). The fate of coccoliths at 48oN 21oW, north-
eastern Atlantic, Deep Sea Research II, 47, 1853-1875.

ZIVERI, P., THUNELL, R.C. & D. RIO (1995). Seasonal changes in
coccolithophore densities in the Southern California Bight during
1991-1992. Deep Sea Research, 42(11/12), 1881-1903.

Hellenic Journal of Geosciences, vol. 45, 55-64 63

Project 23 D:17 2/14/11  7:04 PM  Page 63



Margarita D. Dimiza, Maria V. Triantaphyllou & Eva Krasakopoulou64

Project 23 D:17 2/14/11  7:04 PM  Page 64


